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Jlunoxcueena3zvl a6us0mces WuUpoKo pacnpocmpaHeHHbIMU IHZUMAMU pacmeﬂuﬁ, Kamaausupyrouiu-
Mu nepoxcudﬂoe OKUCJIEHUE NOJUHEHACBIWEHHBLX IHCUPHBIX KUCTIOM. Oma peaxKkyusl AejAemcs KA04eBol 8
OHZUMANULECKOM KACKAOe 06pa306aHu;z WuUpoKoco cnekmpa pecynsinopoe Memabonuzma pacmeﬁuﬁ — OK-
cunununos. C oeticmeuem smux OUOLOSULECKU AKMUBHBIX COCOUHEHUTL CE513b18AI0M qbopjvtupoeaﬂue sawum-
HbIX MEXAHU3IMOB npu bUOmMuUUecKkoM Ui abuomuyeckom cmpeccax, a makace pe2yiAyuro npoyeccos pocma,
PA3MHOMNCEHUSA U CMAPEHUL pACMUMETbHO20 OPScAHUIMA. B 0630[7@ npoaxHaiu3upo6aHbl COBPEMEHHbBLE 63215
Obl Ha K]ZaCC‘Md)UKaUUIO JIUNOKCUCEHA3, UX CNpOeHUue U Kkamajiumu4decKkue ceoticmaa. PaCCMOmpeHbl e80onpocsl
pezynAayuu aKkmueHoOCmu SH3UmMa Ha mpanCKpunyuoOHHoM U noCmmpanCaAYyuUOHHOM YPOBHAX, d MAKaHCe POJlb
JUNOKCUCEHA3HO20 Kamajiusa 6 CucHaliunee pacmumeﬂbﬂoﬁ KJlemKu.
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unokcurenassl (JIOI, nunonear: kucmopon

OKCHJIOPEYKTa3bl) OTHOCATCS K OOJIBIIIO-

MY CEeMENUCTBY AMOKCUTE€HA3 )KUPHBIX KHUC-
JIOT, COJepXKaIINX B aKTUBHOM LIEHTpPE HEreMOBOE
xee30. MckiroueHne coctaBisioT HekoTopsie JIOI!
MaTOTeHHBIX TPUOOB, cojepkaIux Maprasei [1, 2].
JIOI' karanu3upyloT peruo- u crepeocnenudu-
Yeckoe OKHCIIeHHe (PHCOeINHEHNEe JBYX aTOMOB
KHUCJIOPO/1a) TTOJIMHEHACHIIIEHHBIX KUPHBIX KHUCIOT
(ITHXXK), conepxamux (1Z, 4Z)-neHTaANEeHOBYIO
CHCTEMY CBsI3€il C (OPMHPOBAHHEM THIPOINEPOK-
CHUJHBIX TPOU3BOIHBIX [3, 4]. B kadecTBe OCHOB-
HbeIX cyOcTtparoB JIOI' paccMaTpuBaroT, B 4acTHO-
CTH, JIMHOJIEBYIO, O-TMHOJICHOBYIO (y pacTeHUN) U
apaxuJIOHOBYIO (y *KMBOTHBIX) KHUCJIOTBI, KOTOPbIE
BBICBOOOYKIAFOTCS U3 COCTaBa KJIETOYHBIX JINTTUIIOB
[P yYACTHH allWITHAPOIIa3 Wik pochoaumnassr A2
[5]. JIOI" Takxe CrIOCOOHBI KaTaJIU3UPOBATH OKHC-
neane stepudunmpoBanabix [THXK B cocrase
nmunuaoB [6]. OHU MIUPOKO PaCIPOCTPAHECHBI U CO-
JIepyKaTcs B BEICHIMX PACTEHUSX, )KUBOTHBIX, MXaX,
BOJIOPOCIISIX, TPOXKIKAX, KOpaJlax, rpudax, a Takxke
B IIpokapuoTax [7, 8]. Y pacTeHuii cymecTByIOT He-
CKOJIBKO TUTIOB M303H3UMOB JIOI, paznugarommxcs
IO JIOKAJIM3AINH, CyOCTpaTHON crenn(pUIHOCTH, a
TaKKe 10 CTePeO- M peruocnenupuaHocTa Gopmu-
pyeMbIX MpoayKToB [3, 8].
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JIOI" siBnsttoTCS KITIOYEBBIMU 3H3UMAaMHU pacTe-
HUH, YYacCTBYIOIINX B 00pa30BaHUU MPOU3BOJHBIX
okucnenus [THXK — oxcunununos [9], mpencrtas-
JSAOMUX cO00M Pa3HOPOJHBIN KilacC OHOJIOTHYe-
CKU aKTHUBHBIX METa0OJIMUTOB, K KOTOPBIM OTHOCST,
B YaCTHOCTH, )KACMOHOBOIO KHMCJIOTY, OaKTepUIIH/I-
Hble U QyHTUIUIHBIC coenuHenus [3, 9]. MHuoxe-
CTBEHHbIE IYTH TMpPEBpalleHUs] OKCHJIMIUHOB B
KJIETKaX pacTeHHI HHULIUUPYIOTCS (POPMUPOBAHH-
€M THJPOIEPOKCUIOB KUPHBIX KHUCIOT — MEPBUY-
HBIX TipoaykToB peakmuu JIOI [10, 11]. T'maponep-
OKCHJIBI MOTYT OOpPa30BBIBATHCA B KJIETKE TaKXkKe
B pe3yibrare JIeHCTBUS TUOKCHTEHA3 WM IyTeM
HEIH3UMATHYECKOTO TMEPOKCUIHOTO  OKHUCICHMS
[9]. BonbmMHCTBO OKCHIUIIMHOB (hOpMUpPYETCS B
pe3ynbraTe JAalbHEHIINX SH3UMATHYECKUX Tpe-
BpallleHn{ MEePBUYHBIX MPOAYKTOB peakuuu JIOI'
(puc. 1). Tak, peak1uu, KaTaJIU3UpyeMble THIPOTIEpP-
OKCHJJTMa3aMH, TPUBOIAT K (OPMUPOBAHUIO KO-
POTKOLIETIOYEUHBIX aJIbJIETH/10B U CIUPTOB (TpaBMa-
THH). B cBOIO ouepesp, peakiuu, KaTaJIu3upyeMble
aJUICHOKCH/ICMHTa3aMu MpPUBOAAT K 0Opa3oBa-
HUIO OKTaJEeKaHOMJOB, KOTOpPble MeTaboIU3Upy-
IOTCSl CTICU(PHUECKUMH IIMKJIa3aMU B YKaCMOHO-
BYIO KHCIIOTY. [lpyrue peaxuuu, KaTalusupyemble
SMOKCHAJIKOTOJICUHTAa3aMH,  MEPOKCUTeHa3aMU,
JUBUHID(QUPCUHTA3aMU U ClieU(PUYSCKIME pe-
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Puc. 1. Cxema osreuenus runoxcueenas (JI0I') 6 npoyecce cunmesa okcunununog y pacmeruti. AOC — anne-
Hoxcud cunmasa, AOL] — annenoxcuod yuxiaza,; [ 7KK — cudponepokcuowt scupuvix kuciom, I'TIJT — euopoxcu-
nepokcud auaza, J{IC — ousununspup cunmasza, IAC — snoxcuanxozonv cunmasa; KK — scupnvie kuciomol,
Jluzo@JI — nuzoghochonunuovy; 111" — nepoxcueenasa; PI — pedyxmasa, DJIA, — pocghonunasa A,

OyKTa3aMH NPHUBOASAT K (OPMHUPOBAHUIO 3IOKCH-
TUAPOKCUTIOIMHEHACHIIIEHHBIX KUPHBIX KHCJIOT,
TUAPOKCUTIOIMHEHACHIIIEHHBIX KUPHBIX KHUCIIOT, a
TaKKe JUBHUHHIIOBBIX 3()UPOB U KETO-IIPOU3BOAHBIX
OKCHJIMITMHOB. Bbicokas (usnonornyeckasi akTuB-
HOCTb OKCHJIMIIMHOB OOYCJIOBJIEHAa UX POJIBIO B Ka-
YEeCTBE CUTHAJIBHBIX MOJIEKYJI B PETYJIALIMHU TPOLIEC-
COB POCTa, Pa3BUTHUSI U CTAPEHUS OPraHU3MOB [12],
a Tak)Ke B MeXaHU3MaX (OPMUPOBAHUS 3aILUTHBIX
peakuuii kiaeTok pacrenuit [13, 14].

Ha ceropHsmHuil 1eHb WHTEHCUBHOE Pa3BH-
THE HCCIICIOBAHMM, HANpaBICHHBIX HAa H3y4eHHUE
cTpykTypbl U pynkiui JIOI' Ha TeHHOM ¥ KJIETOY-
HOM YPOBHSX IO3BOJIMJIO 3aCBHUIETENICTBOBATH
BaXHYIO (pyHKIIMOHATBHYO poib JIOI' y pacTeHui.

Knaccupuxanust 1 HOMeHKJIaTypa
JIMIIOKCUT €HAa3 PACTCHUI

JIOI' saBnAIOTCS TETEPOreHHBIMH M MHOIO-
YUCJICHHBIMHU 3H3MMaMHU, JUJIsl KJacCU(UKALUU KO-
TOPBIX MOT'YT IPHUMEHSITHCSI HECKOJIBKO IMOAXOIOB.
[Ipeanonaraercs, 4To MOCTpOEeHUE OOIIEH KiIaccu-
¢ukanuu JIOI" pacTeHNi BO3MOKHO Ha OCHOBAHUU
ydera MpeBaJiupyrouero cyocTpara W MpOAyKTa
peaxkuuu, THIa U303H31UMa, ero (hyHKIHOHATIBHBIX
CBOMCTB (YCJOBHH KaTaJTUTHUYECKOH peakiuw), a
TaK)Ke JIOKaJM3aluu B KJIETKaxX U TKaHsAX. B wacT-
HocTH, y pactenuit JIOI' kinaccupuuupyrorcs ABY-

42

Msl He3aBUCUMbIMH criocobamu. [lo nokanuzanuu B
knetke JIOI' paznenstor Ha nBa Tuna: JIOL, naxons-
IIMecs 3a MpenesaMu XJIOPOIJIacTOB, 0003HAYAIOT
kak JIOI' 1-ro tuma, Torma Kak SH3WUMBEI INIACTU/I,
colepKallie XJOpOmiIacTHbIM N-TepMUHAIbHBIN
Tpan3uTHb nentun — JIOI' 2-ro tuna [15]. us
pacTeHuil XapakTEepHO NMPHUCYTCTBUE 00eux (Gopm
JIOT. Ananus ctpykrypsl renoB JIOI" orypuos cBu-
JETEIBCTBYET O TOM, YTO MPOLYKTHl 9 '€HOB 3TUX
5H3UMOB mnpuHajiexar k JIOI' 1-ro Tuma, a mpo-
IyKThl Apyrux 13 renoB kogupyoT JIOI' 2-ro Tuna
[16]. Onmnako y Arabidopsis umeercs nuiib ogHa
uzodpopma JIOI" (JIOI'1), koTopas sBisieTcs SKCTpa-
riacTuiHou [17].

B cBoro ouepenb, B COOTBETCTBUU C PETHO-
CHeUU(UIHOCTHIO OKUCIICHUS JTMHOJIECBON KHCIOTHI
JIOI" pazpensitor Ha 9-JIOI (1.13.11.58) u 13-JIOI"
(1.13.11.12). BcnmeactBue 5THX peakIuii TMpowc-
XonuT (OPMHUPOBAHHME, COOTBETCTBEHHO, 9S-
13S-ruaponepoKCUIPOU3BOIHBIX JIMHONEBOU KHC-
notel [3]. ¥V xuBoTHbIX JIOI' kmaccupunupyrorcs
CXOIHBIM 00Pa30M, HCXOS U3 TIO3ULIUU OKHCIICHUS
YIJIeBOAOPOAHON ILENH apaxUIOHOBOW KHUCIOTEHI
(mpeBanupyromero cyocrpara JIOI' y KMBOTHBIX)
[18]. Pasnuuust B AJMHE YIJIEBOJOPOIHON ILienu
cybocrparoB JIOI' y pactenuil (muHONEBasi, JIMHO-
JICHOBasl), cozlepKallux 18 aToOMOB yriepona, Io
CPaBHEHHIO C TAKOBBIMHU y KUBOTHBIX (apaXuIOHO-
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Basi), coaepxaimux 20 aTOMOB yTiaepo/ia, YCIOKH -
eT HenocpeacTBeHHoe conocTaienue JIOI pa3HbIx
rpynn opranu3moB. HeoOXonuMo OTMETHUTH, UYTO
9-JIOI' pacTeHuil OTHOCATCS NMPEUMYIIECTBEHHO K
JIOI" 1-ro Tuna (UMTO30JbHBIX), TOTJA KaK HEKOTO-
peie 13-JIOI" 1-ro Tuma MOTryT JIOKaJMu3UpPOBAaThCS B
oneocomax [19]. 3BecTHO, 4TO Y TOpOXa M KapTo-
¢dens cymectByroT JIOI' aBOMHOM crieliuUUIHOCTH
[20, 21], xaTanuzupyroume GOpMUPOBAHHE CMECH
MPOAYKTOB — 9- 1 13-ruiponepoKCunpon3BOIHBIX B
pasznuuHoM cooTHomeHnH. JIOI™ )KUBOTHBIX B CXO/1-
HOU CHUTYaluu KJIaCCHOUIUPYIOT MO MPEBAIUPYIO-
meMy NPOAYKTY SH3UMATHUYECKON peakuuu WiIu
obo3navarot B kadectBe JIOI' qBOWHOrO NEWCTBUS
[22].

Oco0ble moaxoapl K KiacCHQUKALUU MOTYT
npuMeHsATbes K HekoTopbIM JIOI™ pacteHuid, KoTo-
pbIe B YCJIOBHUSIX IN Vitr0O ClIOCOOHBI KaTau3upoOBaTh
OKHUCJIEHHE JKMPHBIX KHCIOT »HBOTHOI'O IpOHC-
xoxaeHus. Y kaprodeins uzpectusl JIOI, koTopbie
MPOSIBISIIOT AKTHUBHOCTb  S-TUIOKCUT€HA3bl TPHU
OKHCJICHUH apaxHJI0HOBON KHCIOTHI in Vitro [23].
CrocoOHOCTh OKHUCISATH apaxUIOHOBYIO KHCIOTY
in vitro 6s1ma Takke mokaszana mis JIOD coum [24],
MXOB [25] u Bogopocieit [26].

Hns vexkotopsix JIOI' pactennit xapakTepHsl
TE€ WJIM UHbIE OCOOCHHOCTH UX CTPYKTYpHI U pyHK-
LU, 3aTPYAHSIONINE OOIICTIPUHATY IO KJIacCU(pHUKa-
uwuto. B wactaocTu, onun u3 23 renos JIOI orypios
HE MPUHAIICKUT HU K 9-, Hu Kk 13-JIOI [16]. Taxxe
u3BecTHO, 4To JIOI'6 KyKypy3sl u HekoTophie JIOI
MXOB 00J1a/1al0T aKTUBHOCTBIO TUAPONEPOKCH ATTHA-
3BI JKUPHBIX KUCTOT [25, 27], a JIOT'2 y Arabidopsis
KataJu3upyeT (GopMUpOBaHUE apaOHJIONCUIOB —
OKHUCJIEHHBIX T'aJIaKTOJUMUI0B (MOHO- W JHTrajak-
TO3UJITUATMITIUIIEPOIOB) [28].

B mnocnennee Bpems MOBCEMECTHO MPHUMEHS-
etcst knaccuduranus JIOI' pacteHuii, ocHoBaHHAas
Ha npuBs3ke K oTnenabHbM reHam JIOL, komupyro-
LIIUX COOTBETCTBYIOIIHE H303H3UMBI B KJETKax
pactenuid. Takum o0Opa3oM, KiIacCUPHUIHPYIOTCS
JIOT" Arabidopsis, puca ¥ MHOTHX IPYyTHX BHIOB
pacTeHuil. DTO MO3BOJIAET HEMOCPEICTBEHHO CBA-
3arb QyHkuuu JIOI' ¢ MexaHM3MaMu peryJsiuu
WX AKTUBHOCTH Ha TPAHCKPUIIIMOHHOM M TIOCT-
TPaHCISUOHHOM ypOBHSX. Takxe ObLIO Tpeasio-
xeHo kinaccupuuuposars JIOI Ha ocHOBe HX mep-
BUYHOW CTPYKTYpHI [29].
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OCo0eHHOCTH CTPYKTYPHOI
OpraHu3aluM JHIOKCUI eHAa3

JIOI' xmeTtok pacTeHWH SBISIOTCS MOHO-
MEpPHBIMH TPOTEHMHAMHU C MOJCKYJSIPHOW Maccou
95-100 x/la (oxoi0 900 aMHUHOKHCIOTHBIX OCTAT-
KOB), COCTOSIIIMMU M3 ABYX CTPYKTYPHBIX JOME-
HOB. N-tepmuHanbHbiii qomeH (25-30 k/la), Tax-
ke m3BecTHBIH kKak gomeH PLAT (Polycystin-1,
Lipoxygenase, Alpha Toxin), npeacraBieH mpe-
UMYIIECTBEHHO [-CKJIaguaThIMH  CTPYKTypamu
[15], conepxuT noaBrxHbIE TeTu [30], 1 siBIsETCS
POACTBEHHBIM IO OpraHu3anuu kK gomeny C2. V Be-
retatuBHbIX JIOI" (BJIT") con (koTophie B OOIBIIIOM
KOJIMYECTBE HAKAIINBAIOTCSl B BEreTaTUBHBIX TKa-
HAX PAaCTEHUs) OH MPEICTABJICH MOCIEA0BATEIb-
HOCThIO amuHOKucCHOT 1-172 [30]. TlogBu>kHOCTB
9TOr0 JOMEHa MOXET O00ECIeUMBATh SKCIIOHHPO-
BaHWE aMHHOKHCIOTHBIX OCTaTKOB, HEOOXOIMMBIX
IUTS. CBSI3BIBAHMS ¢ MeMOpaHamu [31], a Takxke ISt
CBSI3BIBAHMS, BBICBOOOXKJICHHSI M TPaHCIIOpTa CYO-
CTpPaToB U IMPOIYKTOB DH3UMATHUYECKON peakiuu
[32]. bonee emkuii C-TepMUHAIBHBIN TIIOOYIISPHBII
KaranuTuueckuii 1omeH (55—-65 k/la) cocTout mnpe-
UMYILECTBEHHO W3 o-criupaiieit [30] u comepkut
aktuBHBIN eHTp JIOI [18].

JIOI" xapakTepu3yroTcss KOHCEpPBATUBHOM Tpe-
THYHOM CTPYKTypoil. B meHTpanbHOil yactu Mo-
nexynbl JIOI' conepkutesa oqun arom sxenesa [33].
W3BecTHO, 4TO aTOMBI a30Ta UMUJA30JbHOTO KOJIb-
I[a TPeX TUCTHUIWHOB, a TAK)KE aTOMBI KHCIOpOIa
C-TepMUHAIBHOTO U30JICHIIMHA, MOJICKYJIAa BOABI U
OokoBas 1enpb acrnaparuHa GOpMHUPYIOT KOOpIUHA-
IIHOHHYIO cdepy, UMEIOMY0 HOpMy OKTadaApdIApa,
U WUTparoT pojb JUraHaoB aroma sxene3a [30]. B
crpykrype JIOI'l Arabidopsis ux pomnb BBITIONHS-
IOT aMUHOKHUCIOTHBIE ocTtatku Asn’’, His’"!, His*",
His®, a Taxxe I1e% (puc. 2). Kpome toro, y BJIT-b
u BJI-/ cou Oblna oOHapyxeHa BTopas cdepa
KOOpIIMHAIIMK “Kelle3a, COCTOSIIasi W3 BOJOPOI-
HBIX CBA3EH, CHOPMHUPOBAHHBIX OOKOBBIMH IIETISIMHU
JBYX KOHCEPBAaTUBHBIX OCTAaTKOB TITyTaMHHA, ABY-
M OCTaTKaMH THCTHIMHA ¥ KapOOHWIBHBIM KHUCIIO-
POZIOM ocTaTKa Mu3uHa. PoJib BOIOPOIHBIX CBsI3EH,
00pa30BaHHBIX YKa3aHHBIMH aMHHOKHCIOTAMH,
COCTOUT B OOECTIEYEHHH ONTHMAJIFHOTO PACIIOJo-
KEHUS cyOcTpara Wil CO3J[aHMsI ero HeOOXOTMMOM
koH(popmaruu [30].
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Puc. 2. [lpocmpancmeennas cmpykmypa aunokcueenasvl 1 Arabidopsis. Ilokazano 0bwyro modens npomeu-
Ha (A), 3HaueHust 2NeKMmPOCMamuyeckoeo nomeHyuaia nosepxnocmu npomeuna (b), a maxoice 3aumnoe pac-
NONOJICeHUEe AMUHOKUCTIOMHBIX OCMAMKOS, GbICIYNAIOWUX 6 PONU TUSAHO08 AMOMA JCene3d 6 AKMUGHOM
yenmpe npomeuna (B). 3nauenue snexmpocmamuyeckoeo NOMeHYuaia 0603HaA4Aemcst 8 NPOMENCYMKAX O
-5 (kpacnuwiii) 0o +5 (cunuii) kbT/ec (T — memnepamypa, kb — koncmanma borvymana, ec — 3apso d1eKMpPoHa).

W — monexyna 6o0wvt

Kanan goctyna kucnopoja B akTUBHBIN LIEHTD
9-JIOI' con nOKanM3UpPOBaH C MPOTUBOMOIOKHON
CTOPOHBI OT caiiTa CBSI3bIBaHUS JKelle3a U cyocTpara
[34]. On npencraBnsieT co0oit y3kuid ruapoPoOHbII
TYHHEJIb, TPOXOASIINN PSIAOM C OCTaTKaMHU T'HCTHU-
IUHa (IMTaHJaMu aToMma jKene3a) U o0ecreurnBaeT
cneuuduunocts JIOI katanuza u BeIcOKOapHUH-
HBI JIOCTYII KHCIOPOAa B Ipolecce dH3UMaTnye-
CKOI peakiuu.

[lonuHenacelleHHast KUpHas Kuciora (cyo-
CTpaT) momnagaeT B aKTUBHBIN LEHTP SH3UMa 4epe3
MOJIOCTh, 00OTALICHHYIO OCTaTKaMH TUAPOPOOHBIX
aMUHOKHCIOT (okouto 50). Bxon B 3Ty monocTs Ha 1O-
BepxHocTu coeBoit JIOI'l naxomgurcs mexnay Trh??
u Leu**! u HanipaBiieH B cTOpoHy C-TepMHHAIBHOTO
H30JICHIIMHA W JIMTaHJIOB JKeje3a (TUCTHIMHOB)
[30, 35]. OTa oOBemMHas MONOCTH (HPOPMUPYET ABA
n3ruba: OAMH BO3JIE aToMma jKejes3a, APYrod — B
KOHIIE MOJOCTH. [IpMeHeHne MEeTO0B TOUEUHOr0
MyTareHesa IO3BOJIMIJIO IOKa3aTh, YTO MOJIEKYJa
cyOcrtpara ¢dukcupyercs B monoctu coeoii JIOI'
B OCHOBHOM 3a CUET JJIEKTPOCTaTUUYECKHUX CBS3EH
MEKIY aMuHOrpynmnoit Arg’”’ u xapOOKCHIbHOU
TPYIION MOJMHEHACHILIEHHON >KMPHOM KHUCIIOTHI,
ruapooOHBIX CBsI3eH, a TakkKe T-T B3aUMOJCH-
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CTBUI MEHTaJMEHOBOW CHCTEMBI cyOcTpara ¢ apo-
MarudeckuM koubiom Trp*®. Ilockonbky Arg’”’
HaXOJUTCS B TIIyOMHE TOJIOCTH H3MMA, HCCIIENO-
BaTeNM NMPUILIN K BBIBOLY, YTO MOJIMHEHACHIIICH-
Hasl >KMpHasi KUCJIOTa BXOAUT B aKTHBHBIH LIEHTP
coeBoit JIOI'l, HaumHast ¢ KapOOKCHIIBHOW TpyI-
bl «carboxylate-end first» [36]. B cBoto ouepens,
tpancnokanus Phe?”” u Tyr*’, nokann3npoBaHHBIX
BO3JI€ BXO/Ja B aKTUBHBIHM LEHTP 3H3KMMa, obecreyu-
BaeT JOCTyN CyOcTpaTa K KaTaJIUTUYECKOMY LIEH-
Tpy JIOI'l macaus [37].

Karanu3 okuCleHHsI HEHACHIIEHHBIX KHC-
70T B coctaBe (HOCPONUNUIOB XapaKTEePHU3YEeTCs
MEHBILIEH CKOPOCTBIO U CPOJCTBOM K CyOCTparTy,
OJTHAKO BO3MOXKHOCTb TaKHMX HPEBPAILCHUH MOA-
TBEP)KJAeT BOBJICUCHHE JIUIIOKCHIEHAa3 B pery-
JAIUI0 KIJIETOUHBIX peakuuil [38]. Bo3aMoxHOCTH
OKHUCIICHHsI KUPHBIX KHCIOT B COCTaBE JIMIINJOB
MoKa3aHa sl SH3UMOB, B aKTUBHOM LIEHTPE KOTO-
pBIX cyOcTpaT pa3MellaeTcsi, HauhHas C METHIIb-
Hoti rpynmbl («methyl-end firsty). Takxke nis JIOI
XapaKTEepPHO OKHUCICHHE HEKOTOPBIX «HEKJaccuye-
CKHX» CyOCTpPaToB, KOTOPOE MOXET MPOUCXOIUTH
B NIPUCYTCTBUU CHHTETHYECKUX WM IPUPOIHBIX
aktuBaropoB. Tak 9-JIOI" u3 kiryOHeit kaprodens B
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MPHUCYTCTBUH JOACHUICYIb(daTa HATPpUS KaTalu3u-
pyeT OKHCIJIEHUE JIMHOJIeBOro crnupra [39] 1 MOoHO-
JIUHOJIEHJITIHIIeposta in vitro [40].

Tpernunas crpykrypa JIOI' sBasercs oqHuM
n3 (aKTOpOB, ONPEIEISIIONIUX CTEPEeO- U PEruo-
cenu(pUIHOCTD ITHX SH3UMOB. Tak, PH3UM 3ele-
Horo ropomika JIOI'N2 comepXuT ABe ACNCHUN HA
C-xoHIIE W TIOCJIEIOBAaTEIBHOCTh APTrUHUH/TPEO-
HUH-THPO3MH B caiiTe, 00eCleYnBaOIIEM CIICIH-
¢uvHOCTH CBsI3bIBaHUA C cyOcTparamu [41]. Pas-
nuunble n303H3uUMBI JIOI™ con Takke pa3zauyaroTcs
o 3apsay U (GopMe aMHHOKHCIOTHBIX OCTATKOB,
JIOKQJIN3UPOBAHHBIX Y BXOJA B AKTUBHBINA LIEHTP. B
yactHocTH, y JIOI'l cou B 3TOM caiiTe 0OHapysxeHa
CeTh BOJOPOAHBIX CBSI3EH MEKIy OOKOBBIMH IICTIS-
mu ocratkoB His?*®, Glu®® u Asn>** [42]. V BJII-b,
BJIT-/] u JIOI'3 cou 3ameHa TIIOTaMUHOBOW KUC-
JOTHl Ha 0oJiee KOPOTKOILECTIOUCUHbIE allaHWH WIIH
TPEOHUH NPUBOAUT K HApPYyIIEHUIO CETH THIPO-
($oOHBIX cBsizeld M (HOPMHUPOBAHHIO 0OJEe OTKPHI-
TOrO BXO/a B aKTHUBHBIM LIEHTP JAHHBIX 3H3HMOB.
Bbonee Toro, B crpykrype JIOI'l cou Bokpyr Bxoaa
B aKTHUBHBIA LEHTP OOHApy>KEHBI apoMaTHYecKHe
AMUHOKHUCIJIOTHBIE OCTAaTKH, KOTOpPbIE MOTYT CIIO-
COOCTBOBaTh ONTUMAIBHOMY TTOJIOKECHUIO TBOWHON
CBSI3U XKUPHOU KHUCIOTHI B akTUBHOM IHeHTpe [30].
[IpenmnonaraeTcsi, 4TO OAHUM U3 BO3MOXKHBIX MeXa-
HU3MOB, NO3BOJISIONIMX JIMHOJEBOM KUCIIOTE BONTH
B akTUBHBIN 1eHTp JIOI-1, siBseTCS MOABUIKHOCTD
6okoBbIx 1ereit Thr* u Leu>*!, mokann3upoBaHHBIX
Ha anba-cnupansax 2 u 11 cooTBeTcTBeHHO [43].

Takum 00pa3oM, BbIIIEyKa3aHHbIE 0COOCHHO-
CTH CTPYKTYpbI JIMIIOKCUI€HA3 OMpPEIeJIsIIoT CTe-
peo- U peruocnenupruIHOCTb dH3UMA, YTO UIPacT
BaXXHYIO pOJIb B pEryisiiuu MeTaboin3Ma pacTe-
HUW IyTeM HPOAYKLHH ONPEIESIEHHOIO CIEeKTpa
OKCHJIUTIMHOB.

MexaHu3M JeicTBHSA JUINOKCUTIeHa3

JIOI" xatanu3upyioT OKUCICHUE COCTUHECHUM,
coJiepXalux Kak MHHUMYM oauH 14-yuc,yuc-
MIEHTAINCHOBBIH ()parMeHT. Jro OKUCIIEHHE TpOo-
HCXOIUT B pe3yJibTaTe pelokc mukia xenesa (Fe*'/
Fe’") B aktuBHoM nentpe JIOI. IlepBblit aTam ka-
Taln3a — JENPOTOHUPOBAHUE TEHTAIUEHUIHLHOTO
(parMeHTa TOJTMHEHACHIIIEHHON >KUPHOM KHUCIO-
ThI — SBJISICTCS ATATIOM, JIUMUTHPYIOLUM CKOPOCTh
JTUTIOKCUTeHa3Horo karamusa [44]. OTpeIB BOIO-
poaa MOXKET MPOUCXOAHUTH CTepeocrenupuyecKu
B R- nnu S-monoxenuun. BonpIIMHCTBO 3H3MMOB
pacTeHui M )KMBOTHBIX OCYIIECTBIISIET OTPHIB (S)-
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Bonopona [45]. OnHako y pacTeHUH Takke ObLIU
oOHapyxeHs! oTaenasHble JIOI, npossusiomue (R)-
cnenuduunocTh [46]. TlokazaHo, yTo crepeocre-
HU(PHUYHOCTh JCTIPOTOHUPOBAHUS JBOWHOW CBS3U
3aBUCUT OT OJHOIO AMHHOKHCIIOTHOT'O OCTaTKa
B aKTUBHOM IIeHTpe — Ala jysi S-TumoKcurenas u
Gly, B TOM ke TOJNOXKeHHH, AN R-mumokcurenas
[47]. UuTEepecHO, UTO JTUMOKCUTCHA3HBIM KaTaln3
MOYKET BKJIIOYaTh TPU MOCIIEI0BATEIbHBIX MpoLec-
ca: peakIIuIo JUOKCUT€HAIlNH, KOTOpasi IPUBOAUT K
00pa30BaHUIO THAPONEPOKCUINKO3ATIEHTACHOBBIX
KHCIIOT; TOCIEeNyIolee OKHCIeHHE MEePBUYHOTO
MPOAYKTa 0 THIPOKCHINKO3aIEHTAaeHOBBIX KHC-
JOT — TUAPOMEPOKCUAA3HYI0 peakiuio [48] u A4-
JNeUKOTPUEHCUHTA3HYIO PEAKINIO (Y )KUBOTHBIX).

CyuiecTBYIOT JB€ MOJIENIH AETTPOTOHUPOBAHM S
cyOcTpaTa nunokcureHasoit. CorinacHo CBOOOIHO-
paJuKaIbHON TEOpuH B pe3yJibTaTe OTpbIBa aToMa
BOJOpoia O0pasyeTcs NEeHTAIUCHUIIBHBIA paau-
KaJIbHBII MHTEpMEIUAT U MPOUCXOIUT BOCCTAHOB-
JICHUWE METallyla B aKTUBHOM LIEHTpe dH3uMa [49].
[ocnenyromee crepeo- u peruocnenuduyeckoe
MIPUCOEIMHEHNE MOJIEKYJISPHOTO KHCIIOpoja Mpu-
BOJUT K 00pa30BaHUIO MEPOKCHIIBHOTO pajHKaa,
BOCCTaHaBJIMBAIOLIETOCS 10 MPOJAYKTa PEaKLUnu —
TUJPONEPOKCUIA KUPHOM KUCIOTHI, OJHOBPEMEHHO
OKHCIISIE METAJUT IO KaTAJIUTUYECKH aKTUBHOTO CO-
crossHUs. AnbsrepHatuBHas mozaens JIOIT karanusa
UCKJIIouaeT oO0pa3oBaHUE MPOMEKYTOUHBIX CBO-
OonHbIX panukainoB. [locTymupyercsi, 4To Aenpo-
TOHHPOBAaHUE M DJIEKTPOPHUIBHOE MPUCOCAHMHEHUE
MeTasia K 1,4-1eHTalueHoBOl cucteme cyocTpara
IPUBOJIUT K 00Opa30BaHUIO HHTEPMEINaTa, B3aUMO-
JeiCTBUE KOTOPOTO C KUCIOPOAOM (popMHUpPYET Mpo-
IyKT peakuuu [50].

Perynsinusi akTMBHOCTH
JIMIIOKCUT €HAa3 PACTEeHUI

Wzmenenne aktuBHocTr JIOI” HabOronaeTcs He
TOJIBKO Ha ONpEJIeNIEHHBIX 3Talax pa3BUTHUsS pacTe-
Huif [3, 51], HO U mpU AEUCTBUU CTpeccoB [52], UTo
YKa3bIBaeT Ha CYILECTBOBaHHE TOHKHX MEXaHHU3-
MoB peryisinuu aktuHocTH JIOIL in planta. Tloka-
3aHo, yTo akTUBHOCTH JIOI" perynupyercs kak npu
MIOMOIIY TIOCTTPAHCIISIITUOHHBIX MEXaHU3MOB, TaK U
Ha ypoBHe TpaHcKkpunuuu. K npumepy, 3HaunTEb-
HbI€ U3MEHEHUS KCIPECCHH T'€HOB JIMIIOKCUTEHA3
orypua HaOIIOfaluch TpU JACHCTBHH TOPMOHOB,
CTPECCOB, a TakK)kKe Ha pas3HbIX dTamax pa3BUTHS
pactenus [16]. B cBoro ouepenb, MEXaHU3MBI aJljio-
CTEpPHUYECKOM peryaiuy JUIOKCUTeHa3 OblIIN U3y-
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YEeHBI y ’KUBOTHBIX [53] 1 BKItouatot aeiicteue ATP,
noHoB Ca?’, (oconunumaoB ¥ aKTUBUPYIOUIMX
npotenHoB. CtpykTypHo JIOI' pacTeHuil U )KUBOT-
HBIX MOAOOHBI, YTO MO3BOJISET MPEANOIOKHUTH CY-
LIECTBOBAHME CXOKUX MEXaHU3MOB PETYJSLUN UX
AKTHBHOCTH.

JIOI' sBnsitoTCS pacTBOPUMBIMU TPOTEHHA-
MH, KOTOpPbIe HAaXOJSTCS B CTPOME XJIOPOILIACTOB,
BaKyOJISIX, [IUTO30JIe, MUTOXOHJIPHSX I JIUIN[-
HBIX Be3MKYyJax (o1eocoMax). B mporusosec aTomy,
cyoctpatsl JIOI SBASIOTCS TIIOXO PACTBOPUMBIMU
B BOJHOMW cpenie npu (PU3HOJOrHUECKOM 3HAUYCHHUH
pH. IIpennonaraercsi, 4TO BO3MOXHBIM MEXaHM3-
MoM akTuBanuu pactBopumbsix JIOI' sBisieTcs ux
¢daxynpratuBHas Ca?’-3aBucHMasi accoluamus ¢
KJIETOYHBIMH MeMOpaHaMu, TIe JIOKaJIU3UPOBaHBI
ruapodoousie cydctparsl JIOI. Y oTnenbHbIX U30-
su3uMoB JIOI con B cTpykType nomena PLAT Obun
oOHapy»XeH c1a00 KOHCePBATUBHBIN CallT CBS3bIBA-
HUS HOHOB Kasbusl. [IpocTpaHCTBEHHO OH JIOKAJH-
3UpPOBaH BO3JI€ BXO/a B aKTHUBHBIA LIEHTP SH3UMA,
rJie acraparvHOBBIE M TJTyTAMHHOBBIC KHCIIOTHI, B
KayecTBe BO3MOXHBIX KOOPAMHATOPOB KaJbIIMS,
OKpy>keHbl THuapodoOHbIME ocTaTkamu [30]. Y
KYKYypy3bl KaJIbIMH OIOCpenoBall CBsI3bIBAaHHE
ZmJIOI'l ¢ MeMOpaHaMU XJIOPOILIACTOB HA yPOBHE
AMHHOKHCJIOTHBIX ocTaTkoB Asp®, Glu'?’ u Glu*”
B gomeHe PLAT [54]. OnHako HEKOTOphIC AaHHBIC
oTHocuTenbHO ponn PLAT nmomena B mpoueccax
cszpiBanms JIOI' ¢ MeMOpaHaMu MPOTHBOPEYUBHI
[32]. Tak numnokcurenasa JIOI'l com, nuineHHas
N-KOHIIEBOTO JIOMEHA, YBEIUYNBaja CBOIO KaTaJlu-
THYECKYIO0 aKTUBHOCTh M COXpaHsija CIIOCOOHOCTD
K accoluaiuu ¢ Memopanamu [55].

[IpeacraBnsieTcst BEPOATHBIM TO, YTO aKTHB-
HocTh JIOI' Tak)ke MOMKET peryJiupoBaThCs Iy-
teM (dochoprnrpoBanus. bbeulo MOKa3zaHO, 4TO
ocratok Ser®® B cocraBe C-TepMHUHAIBHOTO J0-
mera JIOT2 Arabidopsis aedochopunuposancs
B YCJIOBHSIX BO3JICHCTBHS DIUCHUTOPOB (CIIOHHBIX
BbIZIeNIeHUH) BpeauTenei [56]. MertogoMm Macc-
CIEKTPOMETPHUECKOT0 aHaln3a MeNnTUIHBIX (par-
MEHTOB JBa caiiTa QochopunupoBanus Y u
S865 OputM  0OHApYKEHBI B IMOCEIOBATEILHOCTH
nporeuna JIOT4 Arabidopsis [57]. Caiiter docho-
prIIMpoOBaHus Takke ObLIM oOHapyskeHsl B JIOI'2
(S*8) u B JIOI'S (S*%%) [58]. B mocnemoBaTenbHOCTH
JIOI'S Takske ObLT OOHAPY KEH OKUCICHHBIN 0CTATOK
M?32 4T0 MOXXET yKa3bIBaTh HA BO3MOKHYIO POJb
peloKc-cTaryca KJISTKU B PETYJISIIIMHA SH3UMaTH4e-
ckoii aktuBHOCTH JIOI.
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IIpoTeMH—IPOTENHOBOE B3aUMOJECHCTBUE TAK-
K€ MOYKHO paccMaTpuBaTh B KaueCTBE MEXaHHM3Ma
PETYJISIIIK aKTUBHOCTH U PyHKIHK 000UX POTEH-
HoB-ntapTHepoB. [Tokazano, uro JIOI2 Arabidopsis
OpsSMO B3aUMOZICHCTBYET C (PaKTOPOM MHHUIIMALUN
Tpancnanuu 4E mmenunst [59]. beimo takke mo-
Ka3aHo B3aumojeilcTeue 13-nunokcurenassl JIOI2
stamens ¢ 14-3-3 agantepubiMu ipotenHamu [60].

Oco0ble peryssiTopHble CBOWCTBA MOTYT HPH-
CYTCTBOBATh y TaK Ha3bIBAEMbIX T'€TEPOAUMEPH30-
BanHbIX JIOI (fusion proteins) HU3MIMX OPraHU3MOB
[61]. MHTepecen Takxke MexXaHU3M HEOOpaTUMOU
camounHakTuBauun JIOI'  ruaponepokcuIHbBIMU
OPOAYKTaMHU, KOTOPbIE MOTYT OKHCISATH CEpPOCO-
JeprKalire aMUHOKHUCIIOTHI aKTUBHOTO TIeHTpa [19].
JlaHHBII MEXaHU3M MOXET MpPEeNnsATCTBOBATH BO3-
HUKHOBEHHUIO OKHCITMTEILHOTO OBPEKACHU ST KIIET-
KM B pe3ynbsraTe runepaktupanuu JIOI [19].

Jlokaau3anusa JUNOKCUTeHAa3
B TKAHSIX PACTEHUI

JIOI" siBnsitoTCS TOBCEMECTHO paclpocTpaHeH-
HBIMH IPOTENHAMH PACTEHHH, a 0011asi aKTHBHOCTh
JIOI" peructpupyetcsi B OOIBIIUHCTBE UX TKaHEH U
opranoB. OtaenbHble n303H3UMBI JIOI' 3akoaupo-
BaHbl B FTCHOMAaX PaCTCHUH LIMPOKUM HAOOPOM Te-
HOB, B OCHOBE 9BOJIIOIIUU KOTOPBIX JIEXKAT TaHJIEM-
HBIC TYTIUKAIUY U TONUIIonus [62]. PesynpraTs
AHAJIM30B PKCIPECCUU OTACIBbHBIX n3oreHoB JIOI
MOKa3aJil BBIpaXKEHHbIE 0COOEHHOCTH UX paclpo-
CTpaHEHHS! B PAaCTEHHUAX. Y Orypua, 3KCIpeccus
JIOI'1, JIOI'2, JIOI'4, JIOT'9 u JIOI'10 (otHOCSTCS
Kk 9-JIOI') oOHapyskeHa MPaKTUYECKU BO BCEX HC-
CJICJIOBAHHBIX BET€TATUBHBIX U T'CHEPATUBHBIX Op-
ranax [16]. B Toxxe Bpemsa uzoren JIOI'16 orypima
9KCIIPECCUPOBAJICS UCKIIOUYUTENBHO B I[BETKaX [62].
Bonbmioe KonMMUYecTBO TPaHCKPHUIITOB Pa3IUYHBIX
uzoreHoB JIOI' Taxxe OOHApYy>KMBAJOCh B IIJIO-
JIOBBIX 000JI0YKaX M MSKOTH IUJIONOB OTyplia, uTo
CBHJICTEIBCTBYET 00 WX BO3MOKHOHM POJIM B IPO-
Hecce pa3BUTHS TJION0B M OMOCHHTE3E 3aIIUTHBIX
COoeAMHEHUH 17151 OOpHOBI C MAaTOTCHHBIMH I'puba-
MU U Bpenutensimu [16]. Y KyKypy3bl, SKCIIpeccus
rena JIOI'10 (13-JIOI') npeumMyIieCTBEHHO JIOKAJIH-
3MpOBajiach B MOJIOJBIX U CTAapbIX JIUCTHAX, TOTAA
kak TpaHckpuntsl JIOI'll oOHapykuBanuch mpe-
MMYIIIECTBEHHO B mouatkax [15]. B cooTBeTcTBUE C
stum, npoteut JIOI'10, B otnuuwne ot JIOI'11, akky-
MYJIMPOBAJICS Ha BBICOKOM YPOBHE B XJIOPOILJIACTAX
Me3oduiia uctbeB [63]. Takxke ObLIO yCTaHOBIIC-
HO, 4TO 3Kkcnpeccus JIOI4 kyKkypy3bl IpeBaaupyeT
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B MepHcTeMax 1MoOeroB U KOpHe, Toraa Kak Takas
y JIOI'S — B TKaHsAX OONBIIMHCTBA HAaJ3€MHBIX Op-
raHos [64].

Cpenu mectu reros JIOI' Arabidopsis, Beipa-
xenHas skcrnpeccus JIOI'3 u JIOI'4 Obina oOHapy-
JKeHa B paHEHBIX KOPHSX, B TO BpeMs Kak red JIOI2
IKCIPECCUPOBAJICS TPEUMYIIECTBEHHO B JIUCTHSIX
[65]. Heckonbko renoB, konupytomue 13-JIOI
Arabidopsis (JIOI'2, JIOI'3 u JIOI'4), skcmpeccu-
poBanuch B KieTKax Mezoduiia, Torna kak JIOI'
(9-JI0T") u JIOI'6 — sxcpeccupoBaIuCh UCKIIOUH-
TENbHO B KJIETKAX YCThUII [66].

CrekTtp paznuanbix n303H3uMOoB JIOI 0611 00-
Hapy»eH B pe3ysbTaTe aHaju3a MpoTeoMa TKaHei
npopacTaronux ceMss cou [67]. YV kaprodens pe-
3yJbTaThl UMMYHOTHCTOJIOTHYECKOIO aHAJIN3a CBU-
JIeTenbCTBYIOT 0O Jokanuzanuu 13-JIOI" B amexcax
1 BJIOJIb TJIaBHOM OCH CTOJIOHOB C IPEUMYIIECTBEH-
HOH JIOKanu3anue B KJIETKaxX MapeHXuMbl [68]. B
CBOIO Ouepe]lb, AaHAJIU3 NMPOTEHHOB, MOJYYEHHBIX B
pesyabrate nposenenus SDS-PAGE, yka3biBaeT Ha
JIOKaJTU3aUI0 HECKOIBKUX U30(OPM JTUTIOKCUTEHA3
B KIIyOHAX KapTodens [69].

Takum o0pazoM, crienupUIEecKue H309H3UMBI
JIOI' o0namaroT CIOKHBIM XapakTepoM JIOKallu-
3allMM B Pa3IMYHBIX TKaHSX U OpraHax pacTeHH.
3T0 MOKET OBITh CBSI3aHO C MHAWBUYaJIbHOH OMO-
Joruyeckoit ponpio m303H3uMOB JIOI' B kauecTBe
areHTOB PeryJsuu KaKk IPOLEecCOB pOCTa U pa3Bu-
TS, TaK U CTPECCOBBIX M TOPMOHAJBHBIX PEaKIIHi
pacTeHuil.

Poanb iunokcurenas B npoueccax
peryjsinMu MeTadoJim3mMa pacTeHui

UccnenoBanust ¢uznonornyeckoit ponu JIOI
B PEryJjsillMM poCTa W Pa3BUTHS pacTeHHH ObLIN
MPOBEJICHBl HA PA3JIUYHBIX YPOBHAX Yy IIHPOKOTO
CIIEKTpa pacTeHuil. bblIO yCTaHOBIEHO POJIb MEp-
BUYHBIX NpoaykToB JIOI' B mporeccax perynsiuu
GyHKIUH ycThHIl [66] MM MOBBIMIEHHUS] CTOHKOCTH
pactenuit k GakrepusMm [70]. Ha ypoBHe peryns-
LM 3KCIIPECCUU I'eHOB ObLIO Moka3aHo, uto JIOI2
Arabidopsis urpaer kiaroueBy posib B OMOCHHTE-
3¢ MpEeIIIECTBeHHUKA JKaCMOHOBOUM KHUCIOTHI [71],
torna kak JIOI'3 u JIO['4 obecniednBarOT pa3BUTHE
pacrenuii Arabidopsis o My»cKoMy THITY W TIpH-
HHUMAaIOT y4acTHe B Pa3BUTHH IIBETKOB [72]. YpoBHUI
TpaHckpunToB ZmJIOI'10 Kykypy3bl 4eTKO pery-
JUPYIOTCA UUPKAJHOH PUTMHUKON C MaKCUMYMOM
B TIepro/l HanboJee BHICOKON (POTOCHHTETUUYECKON
AKTUBHOCTH. DTO CBSI3aHO C HAJUYHEM B IPOMO-
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TOpe YKa3aHHOTO I'eHa 3JIeMEeHTa OTBEeTa Ha yCJo-
BUSl OCBemIeHHOCTH [15]. Y TOMAaToOB H309H3UMBI
TomloxA, TomloxB u TomloxE skcnpeccupyrorcs
B (hopmupytomuxcs mwionax [73]. B cBoro ouepenn
akcrpeccust n3odu3uMa TomloxC He oOHapyXuBa-
eTcs 0 MOMEHTA HavaJla CO3peBaHus U UTPAET POIb
CHeU(PUISCKOro U303H3UMa, (Y HKIIHOHUPYFOLIETO
Ha JaJbHEHIIUX 3Tarnax pa3BUTHS IJIOAA MO MyTH
OMoCHHTE3a MPOU3BOAHBIX KUPHBIX KHUCJIOT C apo-
MaTUYeCKUMU cBoiicTBaMu [73]. Pe3ynbraThl ucce-
JoBaHUH ponu paznuunbiXx reHoB JIOIT kapTodens
CBHUJIETEJICTBYIOT O TOM, uTO JIOI" urpaet BaxkHyto
poJib B mporiecce pa3BuTus KiyOHel [74] u npuHu-
MaeT y4JacTHe B I€HepalllM JIETYYUX COETUHEHUI
JUISL 3allUThl PAaCTEHUM, a TaKkKE€ KOHTpPOJIE 3KC-
MPECCUU 3AIIMTHOIO I'eHa WHTHOUTOpa MpOTEHnHAa3
2 [75]. Dxcmpeccust mecTy pa3audHbx reHoB JIOI
kuBn — AdLox1, AdLox2, AdLox3, AdLox4, AdLox5
1 AdLOX6 — MHIMBHIyaJIbHO PEryJIUPYeTCs B MPO-
1ecce co3peBaHus MmIonoB [76]. TO yka3bIBacT HA
POJIb JIUTIOKCUT€HA3 B pealn3allii POCTOBBIX Peak-
UM paCTEHHUI.

OK30reHHbIe U DHJIOT€HHbIE CTUMYJIbl BHEII-
He cpebl, B TOM Ynciie pUTOrOpMOHBI, TAK)KE HTPa-
0T BaXXHYIO POJIb B PErYJISLIMM yPOBHS dKCIIPECCUHU
reHoB JIOI (puc. 3). B kauecTBe npumepa, sKkcrpec-
cus reHoB JIOI' B yiofjax oryprioB u3MeHseTCs B OT-
BET Ha JielicTBHE psifa PUTOrOPMOHOB — YKaCMOHO-
BOM KMCJIOTBI, a0CITU30BOM KUCIOTHI U ATUJICHA [16].
Okcmpeccust renoB AdLox1 u AdLOX5 kuBHu Takxke
CTUMYJIMpPOBAJach MO BIUSHUEM dTHieHa [77]. YV
Arabidopsis skcripeccust AtLOX1 u AtLOX2 moBbI-
majach B OTBET Ha JICWCTBUE KacMOHATOB [78], a
akcrpeccust ZmJIOI'] KyKypy3sl — IpH J€HCTBUU
abcun3oBoi KucIoTHI [15]. Kpome BoIlIeyKka3aHHbBIX
TOpMOHOB, 3kcnpeccusi reda JIOI'] nepua (CaJIOI'])
JIOTIOJIHUTENIBHO CTUMYJIMPOBAJIach IEHCTBHEM ca-
mununosoil kucaotsl (CK). bonee Toro, pesyibra-
Thl T€HETHMYECKMX MAaHUMYJIALHMH yKa3blBalOT Ha
no3uTuBHY0 poib CaJlOl'] B peakuusix CTOUKOCTH
pacTeHuil K OaKTepUsiM M MaTOTeHHBIM TpubaM Ko-
Topsle onocpenosansl CK [79].

OdynkunonanbHas acconumanusg JIOIT ¢ peax-
HUEH KJIETOK Ha AEUCTBHUE CAJIHUIIUIOBOU KHUCJIOTHI
MOXET OIOCPENOBAThCS Ha YpOBHE crenuduye-
CKHUX TPaHCKPUIILMOHHBIX (hakTopoB. beuio mo-
Ka3aHo, 4yTo npotenH NPRI (TpaHCKpHUIIIMOHHBII
perynsTop KieTouHoro orBeta Ha aeiictBue CK)
CIOCOOCH HEraTHBHO PEryJIUpPOBAaTh JKCIPECCHIO
Hexotopbix reroB JIOI [80]. B coro ouepens ¢ak-
Top Tpanckpunuuun WRKY62, koTopslit Takke BO-
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306as Kucioma, K — KOPHU, Jl — JIUCIbA

BJICUCH B IIYTH TEPeIaddl PETYISATOPHOTO CHTHAIA
CK, yrueraet s3kcnpeccuto rera JIOI'2 y pacre-
uuit Arabidopsis [81]. Kpome Toro, mpoMoTop rena
JIOI'l xnonka (GhJIOI'l) conepXHUT TMOCIeA0Ba-
TEIBHOCTH — DJIEMEHTHI OTBETA Ha KACMOHOBYIO U
CAJUIUJIIOBYIO KHUCJIOTY, YTO UTPAET BAXKHYIO POIHh
B HakorieHuu npoTenHoB JIOI' 1 ycuiieHuu akTuB-
Hoctu JIOI' B mporecce peakuu rUNepYyBCTBH-
TENBHOCTH Ha JCWUCTBUE IATOICHHBIX OaKTepHid
[82]. BaxkHO OTMETHTB, UTO PEAKITUSI OTHCITBHBIX
nzoreHoB JIOI' Ha neiicTBUE TOpPMOHAJBHBIX CHUT-
HAJIOB SIBJISICTCS B BBICOKOW CTETEHH CIHEIU(UY-
HOM. B 3T0i1 cBsI31 OBLIIO TOKA3aHO, YTO IKCIPECCHS
ZmJIOI'6 cTuMynmpoBajach >KaCMOHOBOW KHCJIO-
TOH, HO yrHeTajlach JEHCTBUEM TaKUX T'OPMOHOB,
KaK a0CIIM30Basi U CaJMIIAIIOBAsI KHCIIOTHI, a TAKKe
stuneHa [27].

Oxcrnpeccus renoB JIOIT Takke H3MEHSETCS
B pe3ynbTaTe JEHCTBUSA CTPECCOPHBIX (haKTOPOB.
VY BuHorpazga, reasr VWLOXA, WLOXC, VWLOXD
n WLOXO ctumynupylorcsi B sirogax B OTBET Ha
nnpekiuio [83], a LoxH3 kaprodens u TomloxD
TIOMUJIOPOB — TION BIUSHUEM paHeHus [84, 85]. V
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KYKypy3bl TeH ZmJIOI']() ctumynupyeTcst Kak ouo-
TUYECKHM, TaK 1 a0MOTHYECKUMU (paHEeHHUE, XOI0)
ctpeccamu [15]. B cBoto ouepens, ren TomloxF 'y
TOMAaToB, KOoTopelil konupyet 13-JIOI, ctumynupy-
eTCs HeNaTOreHHON pu3obaktepueir Pseudomonas
putida [86]. BeicTpoe MOBBIIIICHNE YPOBHS MPOTEH-
Ha JIOI'2 B mpopocTkax prca B OTBET Ha JIEHCTBUE
coyieBoro crpecca [87] Takke yKa3blBaeT Ha BO3-
MOXHY0 poib JIOI Ha HauaNbHBIX dTanaxX PeaKuu
KJIETOK Ha JIeHCTBUE DK30TE€HHBIX CTUMYJIOB.

Posib munokcurenas B CUrHaJIbHBIX
KACKaJAaX KJIETOK pacTeHHi

Perynsaropnas pons JIOI' B kneTkax pacTeHuit
MOKET OIOCPEOBaThCS Ha YypoBHE (OPMHUPOBa-
HUSI CUTHAJIBHBIX KacKaJoB. YUETKUM apryMeHTOM
B IIOJIb3Y ATOTO SIBISETCS OBICTpOE HAKOIJICHHE
nponykroB JIOI" pu nelicTBUM Ha pacTeHHs Opac-
cuHoctepousioB [88], paneHus [52], a Takxke HiH-
cUTOpOB [26]. MI3MeHeHus1 ypOBHS MOHOB KaJIBLIMS
B KJIETKaX, CBsI3bIBaHUE ¢ MeMOpaHamu [54], anan-
TOpHBIMU TpoTenHamu [60], a Takyke HPOLECCHI
hocpopunuposanus/nepochopunupopanus  [56]
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MOT'YT UT'PaTh HETIOCPEICTBEHHYIO POJIb B OBICTPOM
Monymsanuu aktuBHOocTH JIOIT B mpotiecce kieTou-
HOT'O CUTHAJIMHTA.

N3osu3umer  13-JIOI" Arabidopsis — JIOI'2,
JIOI'3, JIOT'4 u JIOI'6 — obGecrnieunBaroT ObicTpoOE (B
Te4eHHUe CEeKYH]I) OPMUPOBaHHUE )KACMOHOBOM KHC-
JIOTHI B paHeHbIX NUCTHAX. JIOI'6 momomHUTENBHO
oOecrnieunBaeT (POPMHUPOBAHUE KACMOHATOB B KJICT-
KaxX KCHJIEMbl OTAAJICHHBIX JTUCTHEB [52], U UTpaeT
poJib B ObICTpOM (POPMHPOBAHUM KACMOHATOB U B
OTBET Ha paHeHue KopHeH [65]. CxogHas KUHETUKA
OBICTPOrO OKHCJICHUS JIMHOJCHOMJI-TIIYy TAMUHOBON
KHUCJIOTHI (3JIMCUTOPA HACEKOMBIX) ObLiIa O0HApYIKe-
Ha B JIUCTBSIX JUKOro Tabaka. JTa peakius KaTa-
musupyetcs NaJIOI'2 w NaJIOI'3, a chopmupoBaH-
HBII TUAPONEPOKCUAHBIN POAYKT UI'PAET BAXKHYIO
POJb B MHAYKIMHM CHHTE3a KaCMOHOBOH KHCIOTHI U
pa3BuTHS 3aUUTHBIX peakuuil [89]. Ponbs NaJIOI2
B OBICTPOM HAaKOIUIGHUHW TpaBMaTHHA Tak)ke ObLia
ycTaHoBJIeHa B TUCThsx Nicotiana attenuata [90].

T'opmon 24-snmbpaccuHonun B TedeHue 20
MUHYT BBI3BIBACT PE3KOE HAKOIJICHHE 9-ruapo-
NepoKcuiInHoseara (nepsuyHoro npoaykra JIOIY)
B JHUCTBsAX ropoxa [88]. ¥ MyTaHTOB pacTeHHil
Arabidopsis mo reny JIOI'l BBISBIICHO MOBBIIIICHUE
YyBCTBUTEIBHOCTH K abciu3oBoil kucnorte [91],
YIHETEHUE CHUTHAJMHTa JTHIICHA TOJA BIUSHUEM
npoxykrta 9-JIOI' [70], a Tak)ke HaKOIUIEHHE Kac-
MOHOBOH KHCIIOTHI B OTBET Ha JIEMCTBUE COJIEBOTO
cTpecca [51], menTuaa CUCTEMHUHA U OJUTOTaNAKTYy-
pounioB [92]. C npyro#t CTOpoHBI, JeHCTBUE XOJI0-
JIOBOTO CTpecca BBI3bIBACT PE3KOE CHIKEHHE aKTHB-
noctu JIOI' B mpopocTkax Typerkoro ropoxa [93].

Criocobnocts JIOI' pacrenuit okucisTe Goc-
¢domunuasl [94] yka3eiBaeT Ha BO3MOXXHOCTh B3aH-
monerictBusl peakuuit JIOI' ¢ agpyrumu curHaib-
HBIMU CUCTEMAMU KJIETOK pacTeHuil. B yacTtHoCTH,
BBICOKHH YpPOBEHb OOLIHOCTH JIMITHJIHBIX cyOcTpa-
TOB YKa3bIBaeT HA TECHbIC (YHKIIMOHAILHBIC CBS-
3u Mexay JIOI™ u dpochonunazamu [6]. B kauecTse
npuMepa ObLIO TMOKA3aHO YTO AKTHUBALMS TpPaHC-
kpurnuu AtLOX2 B oTBeT Ha JACWCTBHUE NATOTCH-
HBIX TpUOOB 1 OakTepuil onocpenoBana pochonu-
nazorr DB1 [78]. Kpome Toro, poisib Gochonumumon
C OKHCJIGHHBIMH OCTAaTKaMHU YKUPHBIX KUCIOT (B Ka-
YecTBE BO3MOXHBIX MPOAYyKTOB akTuBHOCTH JIOI')
ObuTa n3yueHa y pacteruit Arabidopsis B ycmoBusix
paHeHus U IEeHUCTBUS ATOTeHOB [95].

JIOI" 1 ux mpOAYKTHI TaKkKe CIIOCOOHBI KOC-
BEHHO MOZYJIMPOBATh KCIPECCHIO T'€HOB 3aIIHT-
HOro oTBeTa [96], BHI3BIBATH M3MEHEHUSI KOHPUTY-
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pauuu ¥ MeMOpaHHOI'O TOTEHIIMAala MUTOXOHIPH
[97]. OTu nanHble Takke yKa3bIBaIOT Ha BO3MOXK-
Hyo pois JIOI' B mpoliecce mepeaadyu CUTHANIOB y
pacTeHuil.

CurnanpHasi pojib OKCHJIMIIMHOB B KayecTBE
nponyktoB kackaga JIOI, wu3ydeHa aocTaTodHO
mUpoKo. M3BECTHO, YTO OKCHIIMIMHBI KakK JJIeK-
TpoUIIbHBIE COCAMHEHUSI MOTYT (HOPMHUPOBATH
KOHBIOTATHI C KJIETOYHBIMH HYKJIeo(puIamMu, BKITIO-
gyas THOJBl U AMUHOTPYMIBl HYKJIEHHOBBIX KHC-
JIOT, MPOTEUHOB M TMENTHAOB, YTO OBLIO MOKa3aHO
J71s TiryTaTuoHa [98] M mpoTEenHOBOI0 KOMITOHEHTA
CBETOCOOMPATENBHOIO KOMILIEKca GpoTocucTeMsl 11
[99]. D10 MOKET UTpaTh BaKHYIO POJIb B 3aLTUTHBIX
peakuusax pacTeHUH — peaklUMsX TUIEepPUYyBCTBU-
TEJIBHOCTH, peaklUH Ha JeMCTBHE DJIUCUTOPOB U
npu GOTOMHTHOMPOBAHNUH.

WnaxtuBauus JIOI' mpogykraMu peakiuu, a
TAaK)KE€ paCUICIUICHUE OKCWJIMIIMHOB B INIMOKCUCO-
Max ¢ 00pa30BaHUEM HACBIIIEHHBIX KOPOTKOLEMO-
yeuHbIX aiui-KoA [100] MoxeT ObITh OJJHUM U3 Me-
XaHU3MOB 3aBepILEeHUsI CUTHAJIBHOr0 Kackaaa JIOT.

Takum 00Opa3oM, pe3ynbTaThl aHaju3a JIMTe-
paTypsl CBUICTENLCTBYIOT O BoBicueHuu JIOI' B
perynsnuio MeTadon3Ma KJIETOK pacCTeHUN U yKa-
3p1BatoT Ha JIOI' Kak MUIIIEHb B3aUMOICHCTBUS pe-
TYJISITOPHOTO BIMSHUS KaK POCTOBBIX PEAKIIUM, TaK
1 (aKTOPOB TOPMOHAIBHOW U CTPECCOBOM MPUPO-
1el. JIOI™ siBRsitoTCS pacipOCTpaHEHHBIMU OeJIKaMH
pacTeHUl U 3aKOJUPOBAHHBI B TEHOMAaX PaCTEHUM
MHOXECTBEHHBIMU T'eHaMHu. PerynsropHbie (yHK-
nun JIOI' peanusyroTcss Ha ypOBHE MPONYKIIUU
OMONIOTMYECKN aKTHUBHBIX OKCHIMIUHOB. JlaHHBIE
uccnenoBanuii JIOI' pacteHuil CBUAETENHCTBYIOT
0 CIOKHOCTH M CHEUH(DUIHOCTH Pa3TUYHBIX Me-
XaHU3MOB pPErylIsilUd UX AKTUBHOCTH KOTOpPbIE
OCYILECTBIISIFOTCS. HA YPOBHE U3MEHEHUM 3KCIIpec-
CHUU TEHOB, NMPHU YYaCTUHU NOCTTPAHCISIIUOHHBIX
MEXaHU3MOB (BKJItouas pochopunuposanue, Ca*'-
3aBHCUMOE CBSI3bIBaHME C MeMOpaHaMu U KOBaJICHT-
HbIe MOAM(UKALMY TPOTEHHA) UITH ITYTEM MPSMBIX
IPOTEUH—IIPOTEUHOBBIX B3aUMOACHCTBUN. Bax-
HBIM JUJISI KJIETOYHON PETyJISIIIUU SBISIOTCS TaKKe
cyOcTpaTHas crieupuaHOCTh n303H3uMOB JIOI' u
ocobeHHOCTH MexaHu3MoB nportekanus JIOI™ kara-
nu3a. Bee 3t hakTophl 00yCIOBINBAIOT MO3HUIHO-
Huposanue JIOI' B myTsax peaiu3aluyd MporpamMmm
pocta, Mop(oreHe3a W YCTOMYMBOCTH PACTCHHIA.
B cBoto ouepenp, neTaibHBIA MEXaHU3M OBICTPOM
aktuBanuu JIOI, a Tak)xe BOBJIEUEHHE MPOAYKTOB
JIOI' B curHanbpHbBIE CHCTEMBI KJIETOK pacTeHHUI
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ocratoTcsi cnabo M3yYeHHBIMH M SIBISIOTCS TPEA-
METOM JaJIbHEHINHUX HCCIeaoBaHUN. BakHBEIM BO-
POCOM OcTaeTcs (OPMHUPOBAHHE HOMEHKJIATYPBI H
(YHKIIMOHAJIBHOTO COIOCTABJICHHS JTHIIOKCHTEHA3
pacTeHUH U KUBOTHBIX, a TAKIKE [IOUCK COBMECTHU-
MbIX cyoctparoB JIOI' y pacTeHui, )KHUBOTHBIX, a
TaKXe y APyrux rpymi opraHusmos. Ilepcnekrus-
HBIM TaK>K€ OCTAKTCS UCCIIEA0OBAHUS B3aUMOCBSI3€H
rei—(yHKIUA B peryiasitopaom kackase JIOI u mo-
HCK HOBBIX IPOTEUHOBBIX MUILIEHEH OKCUJIMIIUHOB.

JIIIOKCUT'EHA3U I PETI'YJIALIA
METABOJII3MY KJIITUH POCJIMH

I B. Ilokomuno, A. C. Konecrukos,
M. B. Jlepeg’anuyk, I’ I . Xapumonenxo,
B. C. Kpaseyw

IncTuTyT Gloopraniunoi Ximil
ta Hadroximii HAH VYkpainu, Kuis;
e-mail: kravets@bpci.kiev.ua

JlinokcureHasn € MOMUPEHUMH CH3WUMa-
MU POCIHH, SIKI KaTaJi3ylOTh MEPOKCHIIHE OKHC-
JICHHSI TIONIHEHACHYCHUX IKUPHUX KHUCIOT. s
peaxilisi € KJIIOYOBOK B €H3UMATHYHOMY KacKaji
(opMyBaHHS IIHPOKOTO CIEKTpPa PETYIATOPIB
MeTa0Ooi3My POCIMH — OKCHUIIMIHIB. 3 i€ IUX
010JIOT1YHO aKTHBHHX CIIOJIYK IMOB’A3YIOTH (popmy-
BaHHS 3aXUCHUX MEXaHI3MIB 32 YMOB OIOTHYHUX Ta
ablOTHYHUX CTPECIB, a TAKOXK PETYJIISLII0 MPOLECIB
pOCTY, PO3MHOXEHHSI Ta CTapiHHS pPOCIUHHUX
opraHi3miB. B ormsami mimcymMoBaHO CydYacHi TO-
ISIAM Ha  Kjacu(ikalifo JIUIIOKCUTEHAa3, IXHIO
CTPYKTYpy Ta KaTaJliTHYHI BJIacTHBOCTi. Po3ris-
HYTO OCOOJMBOCTI pEryJsiiii aKTUBHOCTI €H3UMY
Ha TPAHCKPHIIIHHOMY Ta TOCTTPAHCISIIHHOMY
PIBHSX, @ TAKOX MiCIIe JIIMMOKCUTEHA3HOT0 KaTai3y
B CUTHATIHTY KJIITHH POCIHH.

KnwouoBi clIoBa: JIIIIOKCUTI'€HA3a,
CTPECOBI peakilii, agamnTallisi, OKCHIIIIHH, >KacMO-
HOBA KUCJIOTA, JIIT AN,
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LIPOXYGENASES AND PLANT CELL
METABOLISM REGULATION

I. V. Pokotylo, Y. S. Kolesnikov,
M. V. Derevyanchuk, A. I. Kharitonenko,
V. S. Kravets

Institute of Bioorganic Chemistry and Petrochemistry,
National Academy of Sciences of Ukraine, Kyiv;
e-mail: kravets@bpci.kiev.ua

Lipoxygenases are widespread plant enzymes
that catalyze the peroxidation of polyunsaturated
fatty acids. This reaction is pivotal in the enzymatic
cascade that leads to production of numerous me-
tabolism regulators named oxylipins. The activity of
these biologically active substances is directly asso-
ciated with defence reactions in conditions of biotic
and abiotic stresses as well as with the regulation of
plant growth, propagation and senescence. In this re-
view the contemporary notions about lipoxygenases
classification, structure and catalytic properties
are summarized. The features of enzyme activity
regulation by transcriptional and posttranslational
mechanisms in addition to the role of lipoxygenase
catalysis in plant cell signalling are discussed.

Key words: lipoxygenase, stress reactions,
adaptation, oxylipins, jasmonic acid, lipids.
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